For humans, there appears to be a clear link between general intelligence and self-control behavior, such as sustained delay of gratification [1] [2] [3] [4] [5] [6] [7] [8] [9] . Chimpanzees also delay gratification [10] [11] [12] and can be given tests of general intelligence (g) [13] [14] [15] , but these two constructs have never been compared within the same sample of nonhuman animals. We presented 40 chimpanzees with the hybrid delay task (HDT) [16, 17] , which measures inter-temporal choices and the capacity for sustained delay of gratification, and the primate cognitive test battery (PCTB), which measures g in chimpanzees [13] [14] [15] . Importantly, none of the sub-tasks in the PCTB directly assesses self-control or other forms of behavioral inhibition. Rather, they assess areas of physical cognition (e.g., quantity discrimination) or social cognition (e.g., gaze following). In three phases of testing, we consistently found that the strongest relation was between chimpanzee g scores and efficiency in the HDT. Chimpanzee g was not most closely related to the proportion of trials the chimpanzees chose to try to wait for delayed rewards, but rather most closely related to how good they were at waiting for those rewards when they chose to do so. We also found the same strong relation between HDT efficiency and those factors in the PCTB that loaded most strongly on chimpanzee g. These results highlight that, as with humans, there is a strong relation between chimpanzees' self-control and overall intelligence-a relation that likely reflects the role of successful inhibitory control during cognitive processing of information and intelligent decision-making.
In Brief
In humans, there is a consistent relation that has been reported between selfcontrol and general intelligence. Beran and Hopkins report the same relation in chimpanzees that were given a test of delay of gratification and a battery of social and cognitive tasks that measure general intelligence.
SUMMARY
For humans, there appears to be a clear link between general intelligence and self-control behavior, such as sustained delay of gratification [1] [2] [3] [4] [5] [6] [7] [8] [9] . Chimpanzees also delay gratification [10] [11] [12] and can be given tests of general intelligence (g) [13] [14] [15] , but these two constructs have never been compared within the same sample of nonhuman animals. We presented 40 chimpanzees with the hybrid delay task (HDT) [16, 17] , which measures inter-temporal choices and the capacity for sustained delay of gratification, and the primate cognitive test battery (PCTB), which measures g in chimpanzees [13] [14] [15] . Importantly, none of the sub-tasks in the PCTB directly assesses self-control or other forms of behavioral inhibition. Rather, they assess areas of physical cognition (e.g., quantity discrimination) or social cognition (e.g., gaze following). In three phases of testing, we consistently found that the strongest relation was between chimpanzee g scores and efficiency in the HDT. Chimpanzee g was not most closely related to the proportion of trials the chimpanzees chose to try to wait for delayed rewards, but rather most closely related to how good they were at waiting for those rewards when they chose to do so. We also found the same strong relation between HDT efficiency and those factors in the PCTB that loaded most strongly on chimpanzee g. These results highlight that, as with humans, there is a strong relation between chimpanzees' self-control and overall intelligence-a relation that likely reflects the role of successful inhibitory control during cognitive processing of information and intelligent decision-making. Figure 1 presents the performance of each chimpanzee in each condition of the hybrid delay task (HDT) in terms of how often the delayed option was selected and how many items were accumulated on those trials. Of specific interest was whether performance on the HDT task was associated with domain general intelligence (g). g refers to a latent, general problem-solving skill [18] [19] [20] that some have argued was selected for in primate evolution and accounts for the wide range of cognitive specializations observed in humans compared to more distantly related species [21] [22] [23] . There is debate as to whether the construct of a g factor more accurately reflects the nature of primate cognition versus a more modular conception of intelligence [24] [25] [26] [27] . Our hypothesis, given past testing with chimpanzees that indicated evidence of a g factor for chimpanzee intelligence [14] , was that efficient engagement of delay of gratification should be associated with better overall cognitive performance, and we predicted that significant positive associations would be found between HDT performance and overall g scores derived from the primate cognitive test battery (PCTB) rather than specific subscale scores. Delay of gratification is a form of self-control, and in the HDT, it is reflected in the accumulation of larger quantities over time, where immediate consumption of available reward ended any additional accumulation. Figure 2 presents the relation of composite PCTB g scores to three measures from the HDT in each of the three conditions. First, PCTB scores are shown in relation to the proportion of choices of the larger-later (LL) option in each condition (Figures 2A, 2D , and 2G). As a reminder, this measure reflects how often the chimpanzees pointed to 12 grapes rather than 4 grapes. Second, PCTB scores are shown in relation to the average number of items accumulated in the delay phase of trials where the 12-item set was selected ( Figures 2B, 2E , and 2H). As a reminder, these panels would reflect the relation of g to how long chimpanzees could wait for accumulating rewards when they had chosen to wait for those rewards. Third, PCTB scores are shown in relation to a measure of overall task efficiency ( Figures 2C, 2F , and 2I). This measure reflects the average number of grapes eaten across all trials, whether the smaller-sooner (SS) or LL option was selected. It is designated as a measure of efficiency because it allows for ranking chimpanzees in terms of how much food they obtained but is agnostic as to whether a given chimpanzee should have chosen the SS or LL option on a given trial. Rather, it indicates how the overall performance pattern of the chimpanzee in its choices and in its delay of gratification during LL trials produced reward. Thus, it could be viewed as a measure of cognitive monitoring of self-control resources rather than just the proportion of self-control choices that are made.
RESULTS
For the 3-s delay condition, there was a significant correlation of PCTB score and proportion of LL choices made (r(38) = 0.57, p < 0.001). There also was a significant correlation of PCTB score and the average accumulation performance on LL trials (r(38) = 0.42, p < 0.001). Additionally, there was a significant correlation of PCTB score and efficiency score (r(38) = 0.65, p < 0.001). Given that all of these HDT measures showed individual significant relations with PTCB performance, we conducted a multiple regression analysis with those three factors to determine which of them best predicted PCTB score. That analysis showed that the efficiency score best predicted PCTB score (t(38) = 5.30, p < 0.001), and it ac- Crucially, there also was not a significant relation between proportion choice of the LL response and accumulation performance on LL trials (r(38) = 0.11, p = 0.51). This indicates that those chimpanzees that waited longer when accumulating were not necessarily those who also chose most often the LL option.
For the 10-s delay, there was a significant correlation of PCTB score and proportion of LL choices made (r(38) = 0.60, p < 0.001). There also was a significant correlation of PCTB score and the average accumulation performance on LL trials (r(38) = 0.49, p < 0.001). Additionally, there was a significant correlation of PCTB score and efficiency score (r(38) = 0.63, p < 0.001). Given that all of these HDT measures showed individual significant relations with PTCB performance, we conducted a multiple regression analysis with those three factors to determine which of them best predicted PCTB score. That analysis showed that the efficiency score best predicted PCTB score (t(38) = 4.96, p < 0.001), and it accounted for 39.3% of the variance. The other two factors, proportion choice LL and accumulation performance in LL trials, did not account for statistically significant additional levels of variance (proportion choice, t(38) = 1.85, p = 0.06; accumulation t(38) = 1.88, p = 0.06).
For this condition, there was a significant relation between proportion choice of the LL response and accumulation performance on LL trials (r(38) = 0.42, p = 0.001).
For the 20-s delay, there was a significant correlation of PCTB score and proportion of LL choices made (r(18) = 0.59, p < 0.001). There also was a significant correlation of PCTB score and the average accumulation performance on LL trials (r(18) = 0.54, p < 0.001). Additionally, there was a significant correlation of PCTB score and efficiency score (r(18) = 0.71, p < 0.001). Again, we conducted a multiple regression analysis with those three factors to determine which of them best predicted PCTB score. That analysis showed that the best model included efficiency score (t(18) = 2.43, p < 0.001), which accounted for 49.7% of the variance, and accumulation performance (t(18) = 3.04, p < 0.001), which accounted for an additional 17.7% of the variance. Proportion choice of the LL set did not account for statistically significant additional levels of variance (t(18) = 0.82, p = 0.43).
As in condition 1, for condition 3 there was not a significant relation between proportion choice of the LL response and accumulation performance on LL trials (r(18) = 0.17, p = 0.49). This again highlights that those chimpanzees that waited longer when accumulating were not necessarily those who also chose most often the LL option.
Significant positive correlations were found between HDT performance and several PCTB tasks, including object permanence, rotation, transposition, numbers, tool use, gaze/point comprehension, gesture production, and attention-getting behaviors (Table 1 ). Figure 3 shows that significant positive associations were found between PCTB task-loading weights and the correlation coefficients between each measure and the HDT measures at 3 s, 10 s, and 20 s. Thus, for PCTB tasks that more strongly loaded on the principal axis factor (PAF) analysis-derived g, these same measures also showed stronger associations with HDT performance across the three-delay intervals.
As with the PAF scores, the correlations of unit-weighted factor (UWF) scores and HDT scores were positive and significant for the 3-s delays (r(38) = 0.610, p < 0.001), the 10-s delays (r(38) = 0.562, p < 0.001), and the 20-s delays (r(18) = 0.643, p < 0.01). Thus, using a UWF instead of a PAF score to reflect g does not change the results.
DISCUSSION
As is true with humans, chimpanzee g is clearly and consistently related to self-control capacities and particularly to delay of gratification. This result mirrors the impressive and long-lasting relation between performance on tests as simple as the marshmallow task and many later outcome variables that reflect crucial aspects of human psychological well-being [1] [2] [3] [4] [5] [6] [7] [8] [9] . In addition, the same factors that most strongly loaded on chimpanzee g measures also best predicted performance on the HDT. This also makes the strong case that self-control and intelligence are linked, and the fact that such a relation exists in species other than humans likely reflects something foundational about the role of inhibitory, cognitive processes in general intelligence. From an evolutionary perspective, the present data suggest that this relation has, at minimum, a shared origin within humans and apes. Future research with other species will be needed to illustrate whether other primates, and perhaps non-primate species, also show this relation, in which case one could argue for a strong selective pressure for cognitive processes that relied on inhibitory control of action and perhaps even precursor mechanisms that assessed present and future options during choice behavior.
It is important to note that the best relation within the HDT outcomes to chimpanzee g scores was not the percentage of trials choosing the LL option (or SS option), nor was the best relation with g how well chimpanzees accumulated food items. Rather, it was the relation of g to efficiency in the HDT. The efficiency measure makes no claim as to what a chimpanzee should choose at the trial outset. Rather, it places a premium on being able to maintain delay if one chooses the delayed reward option. In this way, it allows for chimpanzees to score more highly in terms of efficiency if they choose the LL option less often but then are very good at accumulating rewards. This would seem to reflect a very important issue in human choice behaviornamely that it is not always in one's best interests to choose later, better options. Sometimes, taking something less preferred but more immediate is important as well. Otherwise, there is the risk that one might show pathological levels of self-control [28] [29] [30] . The present results suggest that, among the generally more ''intelligent'' chimpanzees, HDT performance reflected this same occasional ''failure'' to delay, which might instead reflect the occasional need to disengage from self-control. This need to sometimes not show self-control is quite reasonable, and thus should be seen as a sign of intelligent behavior. The constant effort to wait for later things can be stressful [31, 32] , and this seems particularly true for animals in the wild, such as chimpanzees that must consider immediate predation, competition from conspecifics, perishable resources, and the uncertainty of future outcomes that may not persist. In other words, sometimes taking a more immediate reward or benefit, such as a lower-quality food that puts something in the stomach now, could boost future success in delaying gratification for other better, but delayed, rewards [31] . At the same time, flexible intelligence might lend itself to being able to recognize times when delayed gratification may not work, due either to internal factors (e.g., being too hungry, feeling too anxious) or external factors (e.g., uncertainty about whether the delayed reward will still be available later). Thus, intelligent decision making would reflect the right balance of engaging in delay of gratification when it was best warranted, but not when it was least warranted. This is certainly an interesting avenue for further investigation within comparative research.
Past research [16, 17] reported different qualitative outcomes for capuchin monkeys and chimpanzees using the HDT. Those results suggested that there may be a strong concern about choice tasks assessing self-control that involve direct points to food rewards, where pointing to more food is considered to reflect the more self-controlled response. Instead, the concern is that such points may be largely driven by an impulsive drive Weighted scores were computed from the PAF analysis and the correlation coefficient value found between each task and the HDT scores at 3-s, 10-s, and 20-s delays (see Table 1 ).
to reach toward more of something that is valuable [31] . The present results support that concern. In two of three conditions, there was no relation between how often chimpanzees selected the LL set and how good those chimpanzees were at delaying gratification through the maintenance part of the trial. This indicates that those two behavioral outcomes do not underlie to the same degree the presumed construct (self-control) that they are claimed to reflect when tested alone. Chimpanzee intelligence scores were not best matched by choices for the LL set but rather by efficiency in obtaining rewards (which was a combination of choice behavior and delay maintenance). Thus, the present results also highlight additional need for caution about using food sets as response options for intertemporal choice tasks when there is no way to confirm that such choices reflect true self-control [16, 17] . The HDT avoids this concern, and its close relation with g in chimpanzees offers a strong parallel between human and chimpanzee self-control behavior (as reflected in both intertemporal choices and delay of gratification) and intelligence. The significant phenotypic associations between HDT performance and g in chimpanzees raises the question of whether similar or different neural and genetic mechanisms underlie their expression. For instance, Latzman, Taglialatela, and Hopkins [33] recently reported in a sample of chimpanzees that the acquisition of delay of gratification performance, as measured by the accumulation task, was associated with increasing white matter connectivity between the striatum and prefrontal cortex. In light of the fact that HDT performance in the chimpanzees was associated with g, it might be predicted that the volume of white matter tracts connecting these regions may similarly correlate with (1) HDT performance and (2) the PAF g scores, assuming they have a common neural substrate. Similarly, quantitative genetic analyses have shown that chimpanzee g is significantly heritable [14] , but whether similar heritability is evident for delay of gratification or HDT performance remains unknown. Further, determining the genetic (as opposed to phenotypic) correlation between chimpanzee intelligence and HDT performance would provide important insight into whether common genes underlie their expression. From an evolutionary perspective, this would provide critical data on whether evolutionary factors that selected for increased self-control (or g) had the collateral consequence of influencing overall intelligence (or vice versa).
In summary, the findings reported here show for the first time that individual differences in self-control, as measured by the HDT task, are associated with general intelligence in chimpanzees. In short, more intelligent chimpanzees have better self-control abilities. Specifically, these individuals are better at waiting when they decide to do so, but they also seem to balance those choices with other choices for occasional immediate reward, perhaps when successful delay maintenance is unlikely. Another possibility for these results (perhaps in conjunction with the last comment) is that more intelligent chimpanzees learned the contingencies of the HDT better or more quickly and thus showed more optimal performance. Related to both of these points, items from the PCTB that contribute more strongly to g are also more strongly associated with individual performance in the HDT task. Crucially, these items are not themselves tests of inhibition (as shown in Table 1 ). This strongly suggests that self-control and intelligence have a common, but as of yet unidentified, neurobiological foundation within chimpanzees. Further, the findings reinforce previous results showing that the HDT is a more sensitive measure of self-control by dissociating choice behavior-as reflected in the intertemporal choice tasks-from the requirement that subjects wait for the accumulation of chosen food rewards [16, 17] . Together, these results demonstrate a clear and important similarity between humans and chimpanzees with regard to self-control behavior and how the capacity for such self-control relates to general intelligence across these species. The behaviors that come from various delay-of-gratification tests used across species offer important insights into the nature of intelligence and highlight that studying individual differences in self-control matter for multiple species in understanding other differences in broader aspects of cognition and g.
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Detailed methods are provided in the online version of this paper and include the following: 
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Further information and requests for resources and reagents should be directed to and will be fulfilled by the Lead Contact, Michael J. Beran (mberan1@gsu.edu).
EXPERIMENTAL MODEL AND SUBJECT DETAILS Subjects
We tested 40 adult chimpanzees at the Yerkes Primate Research Center of Emory University and the Language Research Center of Georgia State University. The chimpanzees ranged in age from 18 to 48 years of age (Mean = 27.3 years, SD = 7.19). There were 26 females and 14 males, and these specific apes were selected for use in the study because they were currently available for behavioral testing and not assigned to other protocols at the time of data collection. All chimpanzees lived in social groups in which they were housed with 2 to 3 other individuals. All chimpanzees had access daily to indoor and outdoor areas, as well as to a variety of species-appropriate enrichment items. Chimpanzees were maintained on a veterinarian-approved diet and were not food or water restricted for the purposes of experimental testing. Chimpanzees voluntarily engaged in all experimental sessions, choosing to approach the apparatus and engage with the experimenter. Chimpanzees were never restrained, and no invasive procedures were conducted during this study. Table S1 provides additional details about each chimpanzee including their sex, age and rearing history. Under the factor rearing, we have designated the apes as either mother-reared, nursery-reared or wild caught. In captive settings, most females exhibit competent infant care (mother-reared) but sometimes females exhibited inadequate or poor maternal care of their offspring immediately after birth. To minimize the risk of injury or death to these apes, the infants were removed and raised in a human nursery setting (nursery-reared). A complete description of nursery-rearing practices at the Yerkes National Primate Research Center can be found in [34] . Lastly, a small number of chimpanzees were captured in the wild and brought to captivity before 1974 when CITES banned all importation of wild chimpanzees to the United States; thus, these apes were relatively older individuals who had been in captivity for an extended period of time.
This project was reviewed and approved by the IACUC committee of the Yerkes National Primate Research Center (IACUC #YER-2001074-041718GA) and the IACUC of Georgia State University (IACUC #A15018). All guidelines outlined in the Institute of Medicine report for the ethical use of chimpanzees in research were adhered to (and always have been) during all aspects of this research.
Apparatus
Trials of the HDT were presented on a bench with a mounted sliding tray. The bench was placed outside the enclosure but flush with the mesh, so that chimpanzees could reach through to point at one of the two option that was presented. Those options were two sets of discrete food items (grape slices for Yerkes chimpanzees, cereal pieces for LRC chimpanzees) that were placed on small plates (approximately 10 cm in diameter). For Yerkes chimpanzees, a clear plastic tube with a stopper at the midpoint was placed halfway through the mesh of the caging. This allowed the grapes to accumulate in the tube without falling through while chimpanzees were able to pull in the tube at any time to eat the grapes. Once they pulled in the tube, they could eat the items in it, and then return it to the experimenter. For LRC chimpanzees, the food items accumulated in a bowl on the floor rather than a tube, given different logistical aspects of the two laboratories. In both cases, these setups allowed chimpanzees easily to retrieve their food items during trials when they chose to do so.
METHOD DETAILS
All chimpanzees had completed the PCTB testing prior to this experiment [14, 31] . Importantly, they all had done so as adult animals, and so the resulting data were not from ages when developmental trends would be expected.
All 40 chimpanzees completed the first two conditions of the HDT, and a subset of chimpanzees (N = 20, 14 females and 6 males) completed the third condition. That subset reflected that some chimpanzees at the Yerkes Primate Center were transferred to REAGENT another facility before having the chance to complete the third condition. Some chimpanzees were newly tested for this specific project, and the data from other animals came from [17] . Table S1 provides more information. There were two phases to each trial -the choice phase and the accumulation phase. In the choice phase, the experimenter presented two quantities of food items randomized for left-right placement on the bench tray -4 items were placed on one plate, and 12 items on the other. The experimenter then slid the tray forward, allowing the chimpanzee to make a choice by pointing to one of the two food sets. The chimpanzees were highly familiar with this response routine. After they indicated a set of food items, the experimenter removed whichever set the chimpanzee did not choose, and those items were placed behind the bench and out of view. If a chimpanzee chose the set of four items (the SS option), then in the accumulation phase of the trial, the experimenter immediately transferred the four items, all at once, into the tube or bowl so the chimpanzees could obtain them. However, if a chimpanzee chose the set of 12 items (LL), then the accumulation phase of the trial was more extensive. The experimenter transferred the twelve items, one at a time, into the tube in the mesh (Yerkes) or the bowl (LRC) while all remaining items in that set remained visible. This transfer of items continued until all were delivered or until the chimpanzee began eating the items, at which point the experimenter stopped transferring items and the trial was finished. Each trial in a session was of a fixed duration, meaning that the same amount of time passed between the start of every trial and the start of the subsequent trial. This duration depended on the experimental phase (see below for more details).
We conducted the same three conditions of increasing delay duration for choices of the LL set that were used in past studies with chimpanzees [17] so that all newly tested animals experienced those conditions. In the first condition, the experimenter transferred food items from the larger set at a rate of one item every 3 s. Thus, the total amount of time required to accumulate all twelve items was 36 s. In this condition, the total time that passed between the beginning of one trial and the beginning of the next was 120 s. Each test session consisted of eight trials. The first two trials of the session were forced trials in which only one set of grapes was presented (one trial with four items and one trial with 12 items). These allowed the chimpanzees to experience the outcomes of choosing each set. The remaining six trials were test trials as described above. Chimpanzees completed five 8-trial sessions in this condition for a total of 30 test trials and 10 forced trials.
Condition 2 changed only the transfer rate -now to 10 s per item -and the total trial duration -now to 180 s. Chimpanzees completed five sessions of eight trials each. Condition 3 changed the transfer rate to 20 s per item and the total trial duration to 300 s. Chimpanzees completed five sessions of eight trials each.
For all choice trials, with both options available, we recorded which set of items was selected, and when it was the LL set, we recorded how many items were accumulated before the chimpanzees ate those items. Given the perfect relation of delay length and accumulated number of items, we used the latter measure, although for all analyses and results, one can interpret those results in terms of delay time as well as a function of accumulated reward amount.
PCTB Testing and Calculation of ''g''
The methods and procedures for administering the PCTB tasks has been described in detail elsewhere [14, 35] . Briefly, the PCTB consists of 13 tasks aimed at quantifying domain general and domain specific intelligence, notably physical and social cognition. Nine tasks are considered to measure physical cognition and four quantify social cognition, and they are listed in Table 1 along with the number of trials administered for each task. Trial counts are not large for most tasks because the battery was designed to assess more spontaneous performance rather than the trained performances of nonhuman primates [13] [14] [15] . Each chimpanzee received two test sessions on the complete 13-item PCTB test battery that were separated by at least two weeks. Administration of the PCTB tasks was distributed over several days of testing, depending on subject availability and motivation. A complete set of PCTB test data were obtained on all measures before starting on the second series of tests. Food rewards were provided for all operationally defined correct responses for each task. To calculate the domain general intelligence g score, the percentage of correct responses was computed for each task across trials. The PCTB performance measures were then subjected to a principal axis factor (PAF) analysis with no rotation. The outcome measure from this analysis was a weighted PAF score and these values were subsequently correlated with the HDT values.
QUANTIFICATION AND STATISTICAL ANALYSIS
To assess the relation between PAF g scores and HDT performance, we calculated Pearson Product Moment Correlation coefficients. We also conducted multiple regression analysis with the three factors of HDT performance with PCTB scores. t tests were conducted to assess whether individual factors accounted for statistically significant variance in the regression models. These analyses were conducted for each delay length independently. To assess the relation of PCTB task weighting and HDT performance, a principal axis factor (PAF) analysis was performed on the 13 performance measures from the PCTB, and one piece of output data from this analysis is the factor matrix, which indicates the relative weight that each item or measure within the PCTB contributes to the structure of the PAF g scores (see Table 1 ). Thus, items with higher values contributed more to the structure of the g PAF scores than items with lower values. In light of the fact that overall PAF g scores were positively associated with the delay of gratification scores derived from the HDT test, then it follows that PCTB tasks that load more strongly on the PAF derived g scores would be more strongly associated with HDT performance than tasks that contribute less to the derived measure of g. To test this hypothesis, we ran two additional sets of correlations. We calculated Pearson Product Moment Correlation coefficients between the PCTB performance scores and the efficiency measure derived from the HDT measures at each delay interval. We correlated the weighted score of each PCTB task computed from the PAF analysis and the correlation coefficient value found between each task and the HDT scores at each delay length (see Table 1 ).
The individual PAF scores for a given subject are their weighted contribution to the creation of a latent factor, and this is considered a parsimonious representation of observed correlations between variables. We also performed correlations between the HDT scores and unit-weighted factor (UWF) values which converts performance measures from the different tasks to z-scores, and then averages the z-scores across all tasks to derive a single measure of intelligence.
Alpha was set at 0.05 for all analyses. For all analyses, data were included from all chimpanzees that were tested, and analyses were conducted using SPSS (Version 23).
DATA AND SOFTWARE AVAILABILITY
All data acquired and used in this study will be made available to anyone who directly requests it from either M. J. Beran (mberan1@ gsu.edu) or W. D. Hopkins (whopkins4@gsu.edu). Additionally, the raw data will be placed in the publication repository for the National Chimpanzee Brain Resource (chimpanzeebrain.org).
